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Abstract 
Background: Different theories suggest birds may use compass or map navigational systems associated with Earth’s 
magnetic intensity or inclination, especially during migratory flights. These theories have only been tested by consid-
ering properties of the Earth’s magnetic field at coarse temporal scales, typically ignoring the temporal dynamics of 
geomagnetic values that may affect migratory navigational capacity.
Methods: We designed a simulation experiment to study if and how birds use the geomagnetic field during migra-
tion by using both high resolution GPS tracking data and geomagnetic data at relatively fine spatial and temporal 
resolutions in comparison to previous studies. Our simulations use correlated random walks (CRW) and correlated 
random bridge (CRB) models to model different navigational strategies based on underlying dynamic geomagnetic 
data. We translated navigational strategies associated with geomagnetic cues into probability surfaces that are 
included in the random walk models. Simulated trajectories from these models were compared to the actual GPS 
trajectories of migratory birds using 3 different similarity measurements to evaluate which of the strategies was most 
likely to have occurred.
Results and conclusion: We designed a simulation experiment which can be applied to different wildlife species 
under varying conditions worldwide. In the case of our example species, we found that a compass-type strategy 
based on taxis, defined as movement towards an extreme value, produced the closest and most similar trajectories 
when compared to original GPS tracking data in CRW models. Our results indicate less evidence for map navigation 
(constant heading and bi-gradient taxis navigation). Additionally, our results indicate a multifactorial navigational 
mechanism necessitating more than one cue for successful navigation to the target. This is apparent from our simula-
tions because the modelled endpoints of the trajectories of the CRW models do not reach close proximity to the 
target location of the GPS trajectory when simulated with geomagnetic navigational strategies alone. Additionally, the 
magnitude of the effect of the geomagnetic cues during navigation in our models was low in our CRB models. More 
research on the scale effects of the geomagnetic field on navigation, along with temporally varying geomagnetic 
data could be useful for further improving future models.
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Background
Long-distance migratory flights are energetically costly 
[1, 2] and movements off course can result in fatal out-
comes. To be competitive at feeding grounds or breeding 
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sites, it is crucial for most animals to arrive at the correct 
location at the right time [3]. Therefore, an accurate and 
adaptable navigational mechanism robust to environ-
mental change is required. In particular, birds are known 
to use a multifactorial navigational mechanism, especially 
during migration [4–6] but it is still unclear how differ-
ent potential methods of navigation interact or func-
tion. A highly debated navigational mechanism involves 
birds using the geomagnetic field and different potential 
navigational strategies (compass or map) associated with 
different geomagnetic properties (e.g., intensity, inclina-
tion). Research has demonstrated the importance of the 
geomagnetic field in specific instances, for example when 
the magnetic compass of songbirds can be experimen-
tally recalibrated during a single migratory night [7] and 
through evidence of individuals becoming disoriented 
during local geomagnetic changes [8–10]. Since the geo-
magnetic field is highly dynamic on a global scale, the 
level at which birds navigate using the geomagnetic field 
is of increasing relevance [11].
Birds may use multiple different mechanisms to detect 
properties of the Earth’s magnetic field. Specifically, some 
birds have been suggested to possess an iron-based sen-
sory mechanism in the beak which detects magnetic 
intensities [12, 13]. Others may have a protein-based 
sensory system in the eye for detecting magnetic inclina-
tion [14, 15]. A third potential mechanism is suspected 
to be located in the ear [16]. The sensitivity for detect-
ing changes in magnetic intensity has been estimated 
through behavioural experiments to be in the range of 
20–50 nanoTesla (nT) [17, 18] and 50-200nT in neu-
rophysiological experiments [19, 20]. Determining the 
sensory sensitivity of birds is important because the 
intensity of the Earth’s magnetic field changes on average 
10nT over every km with local daily variation of about 
30-100nT in mid-latitudes and up to 1000nT in polar 
regions. The sensitivity in resolving differences has been 
shown to be in the order of less than 1–5 degrees [21–23] 
and around 0.009° per km. The scale at which the geo-
magnetic field varies during a migratory flight of a bird is 
therefore well within the range of what birds can detect, 
making use of these cues for navigation highly relevant 
and plausible.
Geomagnetic fields may be used for two different 
types of navigational strategies, compass and map. Birds 
can use the Earth’s magnetic field to derive a constant 
direction for compass navigation, similar to using a sim-
ple magnetic compass to maintain a constant direction 
[4, 24–26]. This is however affected by local and global 
changes in the magnetic field and needs to be regularly 
calibrated [7, 27–29]. Map navigation is a more complex 
navigational strategy and requires more precise infor-
mation about the geomagnetic field. It is defined by an 
individual’s ability to localise themselves in accordance 
with a desired goal based on a two-dimensional grid 
[30–34]. While both values of Earth’s magnetic intensity 
and inclination could be used for compass navigation 
independently, map navigation would require at least the 
use of two different cues (e.g., intensity and inclination). 
Additionally, a combination of map navigation with addi-
tional navigational mechanism might be possible [24, 33, 
35–38].
There is on-going debate about how the geomagnetic 
field might be used by birds, and about which naviga-
tional strategies are likely [33]. Different approaches to 
study geomagnetic bird navigation in the past relied on 
behavioural [10, 17, 18, 21–23, 39], neurophysiologi-
cal [19, 20], or displacement experiments [40–43]. More 
recently, scientists have explored different modelling 
approaches [44] to study navigational strategies during 
migration. However, a key limitation of such modelling 
approaches is the quality of the geomagnetic data that are 
available. Existing approaches have generally been based 
on static representations of the geomagnetic field, which 
fails to capture the fact that in reality it is constantly 
changing and that these local dynamics are within the 
sensory range of birds.
The rapid growth of GPS tracking and the emergence 
of new methods and models for collecting better quality 
data on the geomagnetic field mean that a data-driven 
approach may yield additional insights about how birds 
navigate in relation to the geomagnetic field. Agent Based 
Models (ABMs), for example, can be used to simulate 
individual movement and simultaneously incorporate 
interactions with the environment [45–52]. Mathemati-
cally the movement path within an ABM can be modelled 
as a random walk [53], which can be used to generate a 
movement track, simulated purely from random deci-
sions of the individual—affecting step length and turn-
ing angle. Random walk models can be extended in many 
ways to include for example bias in movement direc-
tion based on previous steps (correlated random walks 
(CRW)) and/or a bias/drift component based on external 
factors [50].
In this study, we design a simulation experiment to 
study potential navigational mechanisms using the geo-
magnetic field built upon high-resolution GPS tracking 
data and dynamic models of the geomagnetic field. This 
is a new approach that integrates temporally varying 
modelled geomagnetic data into random walk models 
representing different navigational strategies. We build 
the parameters of our individual-based models using 14 
individual autumn migrations of greater white-fronted 
geese (Anser a. albifrons) captured with GPS-tracking 
by applying 5 different navigational strategies. Using this 
simulation environment, we explore the following two 
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questions: (1) which modelled navigational strategy most 
closely aligns with the real GPS tracking data; and (2) 




We used GPS tracks of adult greater white-fronted geese 
that migrated between their Russian Arctic breeding 
grounds and West-European wintering sites. These geese 
are a good model species as they migrate at day time and 
night time [54], making it more likely that they use mul-
tiple navigational mechanisms including geomagnetic 
navigation. The geese were caught either in family groups 
during moult on Kolguev Island (Russia) or during winter 
in the Netherlands or Northern Germany and equipped 
with high-resolution GPS neckband tags (madebytheo, 
35 g; see details in Kölzsch et al., 2016) [54]. We only used 
data from autumn migration (September–November), as 
the geese stop very little then, [54] and only included ani-
mals which completed the whole migration in 3 days or 
less, making it easier to model constant flight trajectories. 
The solar tags were programmed to collect data at a tem-
poral resolution of one position every 30  min, however 
due to low recharge in autumn resolutions differed. We 
selected only one animal out of each flock to avoid the 
impact of it being a social bird, as one individual would 
be representative of the migratory decisions of the entire 
flock [54].
We pre-processed the GPS data to remove outliers. Our 
focus was only on migratory flights, so we extracted data 
from migratory periods, excluding data associated with 
summer and wintering habitat areas. To exclude the data 
from the summer locations we generated a 500 km exclu-
sion zone around the northernmost point of each bird 
in each year which was based on the maximum distance 
travelled in the breeding location [55]. Greater white-
fronted geese are less localised in wintering habitats and 
therefore we excluded data from the winter locations 
with a 700 km exclusion zone around the southernmost 
and westernmost points for each bird in each year. We 
only used bird trajectories where the length of the migra-
tory track was more than 1500  km. Since birds might 
stop along a migratory flight, only points with ground 
speeds higher than 6 km/h can be assumed as flying. For 
example, a study on bar-headed and barnacle geese found 
maximum ground speed was 1.17  m/s = 4.2  km/h [56]. 
We removed all points associated with speeds less than 
6 km/h to exclude stopover locations from the migratory 
flight. In total, we analysed 14 autumn migrations across 
4 years (2016–2019; Fig. 1). As our models required tem-
porally regular locations, we linearly interpolated the 
tracks to an interval of one hour.
Geomagnetic data
The Earth’s magnetic field is a bipolar magnet and the 
magnetic poles are at distance to the geographic poles 
located at the rotational axis at the Earth’s surface [4]. 
The magnetic field is a three-dimensional vector, typically 
measured in the North-East-Centre (or Down) coordi-
nate system (Fig. 2). Magnetic intensity (F) is the length 
of the field vector and is highest at the poles (60,000–
65,000 nT) and decreases towards the magnetic equator 
(23,000–25,000 nT). The horizontal intensity (H) of the 
geomagnetic field vector is a strength component based 
on the north and east components of the geomagnetic 
field [4]. Magnetic inclination (I) is the angle of mag-
netic field lines relative to the surface of the Earth [4]. 
At the magnetic poles, the field lines go straight into the 
Earth (90°) and are parallel to the Earth’s surface at the 
magnetic equator (0°). The field is a composite of several 
components: the core field, generated by the dynamo of 
the Earth’s core, the lithospheric field, generated by the 
magnetism of the rocks on Earth’s surface and the field 
generated by external influences, primarily those by 
Solar wind [57]. The core and lithospheric fields change 
slowly, over scales of years to millennia [11]. Solar wind, 
Fig. 1 Autumn migratory trajectories of individual greater 
white-fronted geese from 2016 to 2019
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however, can create disturbances of the field at temporal 
scales of minutes to hours, in particular during periods 
of high activity on the Sun, which lead to the so-called 
geomagnetic storms. Such disturbances may cause rapid 
changes in geomagnetic field values that the birds can 
sense and may therefore affect their navigation.
Terrestrial and satellite measurements of the geomag-
netic field are used to create global magnetic models, 
which represent the values of the field at each location 
on the Earth’s surface at a high temporal frequency. 
These models are based on real-time Earth’s magnetic 
field measurements, obtained by the global network 
(the International Real-time Magnetic Observatory 
Network, INTERMAGNET) and by a suite of specific 
geomagnetic satellites (e.g., the Swarm constellation 
of the European Space Agency). In this paper we used 
daily modelled geomagnetic data, which are publicly 
available from the National Centres for Environmen-
tal Information (NCEI) of the National Oceanic and 
Atmospheric Administration (NOAA). These models 
are based on the 12th Generation International Geo-
magnetic Reference Field released by the International 
Association of Geomagnetism and Aeronomy (IAGA) 
[58] and represent daily changes of the field [58].
We downloaded modelled data for the area cover-
ing our study for every day associated with our GPS 
tracking data. We retrieved data for magnetic inten-
sity (F, nT), horizontal intensity (H, nT), and magnetic 
inclination (I, degrees). The IAGA geomagnetic data 
are obtained at a spatial resolution of 0.1 arc-seconds, 
which we resampled to a 5 km spatial resolution in the 
lambert conformal conic projection with parallels at 
75- and 50-degrees latitude (and this lambert confor-
mal conic projection was used in all subsequent analy-
ses, Fig. 3).
Fig. 2 Overview of the Earth’s magnetic-field vectors. The 
geomagnetic intensity (F) can be represented by a vector in a 
3-dimensional plane (geographic north (N), geographic east 
(E), down (C)). Its component in the N–E plane is the horizontal 
component (H). The angle between the field intensity and the 
horizontal plane is the inclination (I) and the angular difference 
between the geomagnetic and the geographic north is the 
declination (D)
Fig. 3 Example maps of the three geomagnetic quantities used in our simulation: (a) the intensity F (nT), (b) the inclination I (degrees), and (c) the 
horizontal component H (nT), for September 19, 2016
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Modelling
Birds may rely entirely on geomagnetic navigation or 
alternatively use a multifactorial navigational mechanism 
(Fig. 4). To incorporate this in our models we simulated 
different navigational strategies using correlated ran-
dom walks (CRW, Additional file 1: Table S1) and corre-
lated random bridges (CRB, Additional 1: Table S1). The 
CRW models enabled us to simulate models that were 
a representation of navigation entirely based on geo-
magnetic navigation. In the CRW models, there was no 
fixed endpoint of the modelled trajectories and the only 
bias towards reaching the target location (the end point 
of each GPS trajectory) was based on geomagnetic navi-
gation. The CRB models are a special case of the CRW 
[59] where both the start and the end point are fixed in 
space [50] and in our case were identical to the origin and 
destination points from the migration defined by the GPS 
data. This type of model implies additional knowledge 
during navigation, which is defined by the pull to the 
target. However, there was still a random component in 
the simulated trajectories of the CRB models and includ-
ing geomagnetic navigation could potentially decrease 
the variation in these simulated trajectories and help us 
understand the extent and type of geomagnetic informa-
tion used during these particular journeys.
Correlated random walk (CRW) models simulate 
movement using pre-defined step length and turning 
angle distributions (Additional 1: Table  S1). In a CRW, 
the direction in a current step is correlated with the 
direction in the previous step [53]. In each successive 
step, the step length and turning angle were drawn from 
the corresponding distribution. We derived distributions 
for step lengths and turning angles from the GPS tracking 
data and pooled step lengths and the turning angles for 
all individuals. These distributions were used to derive 
a two-dimensional probability distribution and a unidi-
mensional distribution of the differences of step lengths 
and turning angles with a lag of 1 to maintain autocor-
relation in each of the terms. The additional procedure to 
look at the autocorrelation of the steps ensured that the 
trajectories maintained a closer geometrical similarity 
to the original GPS tracking data. A correlated random 
walk was calculated with the step lengths and the turn-
ing angles and their autocorrelation to generate sufficient 
input data for the models. Additionally, we set each initial 
heading to a navigation-specific optimum heading with a 
turning error of Pi/12 for the CRW models.
A CRB is a correlated random walk were both the start 
and end point are fixed in space [50]. The pull to the tar-
get was derived from the correlated random walk, which 
was calculated for each step as the distribution of dis-
tance to target and the directions to the target [60, 61].
Here, the tracks in our simulated models were gen-
erated based on the distributions of step lengths and 
turning angles observed in the empirical bird migratory 
tracks. These movement parameters were used to define 
a probability surface that represents the probabilities of 
subsequent steps made in the CRW and CRB models. 
We then combined the probability surface based on the 
movement parameters (step-length and turning angle) 
with a probability surface defined by navigational strat-
egies associated with geo-magnetic values (Additional 
1: Figure S1). Through this approach it was possible to 
model realistic steps that captured preference for certain 
environmental conditions; in this case, preferences asso-
ciated with different navigational strategies associated 
with the Earth’s magnetic field.
To estimate a realistic weight between the two prob-
ability surfaces, based on the movement parameter and 
on the environmental (geomagnetic) bias, we re-ran the 
analysis using other weighting schemes which weigh the 
geomagnetic navigation strategy differently. These results 
showed that the weighting influences the simulations in 
a predicted way with high weightings on the navigation 
strategy resulting in simulations that are highly determin-
istic but less related to the geometry of the tracked GPS 
trajectories of the birds (Additional 1: Table  S2, Figure 
S2). Low weightings resembling true correlated random 
walks (Additional 1: Table S2). For our chosen models we 
took the square root of the movement probability raster 
multiplied by the bias probability raster of the geomag-
netic strategies. This enabled us to put a higher weight 
onto the geomagnetic bias while still maintaining the 
movement parameters of the tracked birds.
Each navigational strategy involves different calcula-
tions applied to the geomagnetic data to create the prob-
ability surface that was used to condition the random 
walk models. Based on literature we modelled five dif-
ferent navigational strategies including a control without 
geomagnetic bias (no bias), simulated as CRW and CRB 
models with no conditional component. In the following 
section we describe the other four navigational strategies, 
followed by an explanation of how we incorporated these 
into our simulation models. The models are explained in 
more detail in Additional 1: (S1).
Geomagnetic taxis
Geomagnetic taxis is the navigational strategy based on a 
bird flying towards a single global geomagnetic extreme 
along a gradient [36, 62]. This means that the bird is 
following along one gradient, but with no defined end 
point. Equally, this could mean a bird is constantly flying 
towards a local extreme value in the geomagnetic field 
(e.g. heading towards the geomagnetic north or south). 
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Given that this is migratory movement, and since we 
focus on autumn migration (in this case from high to low 
geomagnetic values), the global minimum of the mag-
netic field was modelled as having the highest probabil-
ity of movement (1) and the maximum magnetic value 
the lowest probability (0, Fig. 4). We used linear scaling 
to model the probability of selecting a location relative to 
the maximum and minimum values. For navigation, this 
means that if the desired magnetic value (e.g., the mini-
mum) was in line with the migratory path, maximising 
the sensed values of the magnetic field can be used to 
reach a target destination. We repeated this process with 
each of the different geomagnetic properties F, I, and H.
Map‑constant heading
Similar to flying towards a global geomagnetic extreme, 
the extreme values might be used as a point of reference 
for navigation. This navigation could be used to keep a 
constant heading/constant angle towards a geomagnetic 
cue [4, 24–26, 63]. Constant heading is another form of 
compass navigation, where instead of following the gra-
dient, an extreme value is used to maintain a constant 
heading. However, if a bird uses constant heading based 
on memory of a previous migration, then constant head-
ing could be classified as compass navigation alone. How-
ever, since the earth magnetic field values are constantly 
changing this is not likely to be the case. Therefore, to 
navigate with constant heading compass navigation, 
map navigation is required for positioning in relation to 
the target location and daily calibration to geomagnetic 
changes. In our study, the bird calibrates the constant 
heading based on the angle between target position and 
extreme values of the geomagnetic field, therefore we 
Fig. 5 Example of a probability raster for one step of the simulation 
experiment for the geomagnetic navigational strategy ‘Map-constant 
heading’. The highest probability values are shown red (indicating 
higher probability of movement steps in that location) and lower 
probability values are yellow (indicating a lower probability of 
movement step in that location). These rasters were calculated before 
each step of the simulated trajectory and are dependent on the 
current position of the simulated bird and the current condition of 
the geomagnetic field -the green dot is the location of the minimum 
value of the raster. The true migratory trajectory of animal 1, 
interpolated to 1 h frequency, is represented by black dots. The blue 
line represents a straight line between the current position of the 
simulated trajectory at the start of the migration and the final point of 
the GPS trajectory. We used the geomagnetic field value intensity in 
this example plot
Fig. 4 Example of a probability raster for one step of the simulation 
experiment for the geomagnetic navigational strategy ‘geomagnetic 
taxis’. The highest probability values are shown red (indicating higher 
probability of movement steps in that location) and lower probability 
values are yellow (indicating a lower probability of movement step 
in that location). These rasters were calculated before each step of 
the simulated trajectory and are dependent on the current position 
of the simulated bird and the current condition of the geomagnetic 
field -the green dot is the location of the minimum value of the 
raster. The true migratory trajectory of animal 1, interpolated to 1 h 
frequency, is represented by black dots. We used the geomagnetic 
field value intensity in this example plot
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define constant heading, in our case, as map navigation. 
We calculated the probability raster where the maximum 
value was the mean angle of the bird’s straight-flight tra-
jectory with respect to the extreme geomagnetic value. 
First, the angle between the extreme geomagnetic value, 
the current position of the simulated bird at the start of 
each day, and any point on raster were calculated. The 
angle was calculated for one daily position only because 
biologically most evidence suggests towards one calibra-
tion a day in birds [7, 64]. For the probability raster the 
mean angle of all points on the line between the start/
current position and the end point of the trajectory had 
the highest probability. Angles higher or lower were cal-
culated according to 180 degrees = 100%. The model 
was run twice for each geomagnetic value (F, I, H), with 
the global geomagnetic minimum and with the global 
geomagnetic maximum. Figure  5 shows an example 
probability surface for this strategy.
Map‑bi‑gradient taxis navigation
Birds could navigate based on a two-dimensional geo-
magnetic map. Map navigation or map-based orienta-
tion is based on the knowledge of values that can be 
sensed for navigation at a target location and a navigation 
towards these values [30–34]. In theory, this form of map 
navigation is geomagnetic taxis navigation but along two 
different gradients, however an additional difference is 
the clear positioning towards an end value of the target 
location. Therefore, two different values are needed for 
orientation that were derived separately from the geo-
magnetic values. For both, the probability of 1 was the 
geomagnetic value at the end point of the trajectory. The 
full range of probabilities was calculated with the range of 
the geomagnetic values in each raster with linear scaling, 
similar to the process for geomagnetic taxis. The prob-
ability rasters were calculated separately for each of the 
two geomagnetic values used and multiplied (Fig. 6). Dif-
ferent combinations of magnetic values were modelled as 
per the following: F–I, F–H, I–H. 
Combination map bi‑gradient taxis ‑ map constant 
heading
Combinations of map navigation with other naviga-
tional strategies have also been suggested [24, 33–38]. 
An example of the combination of different navigational 
strategies could be a combination of map navigation and 
compass constant-heading strategy. We calculated two 
different probability rasters, one based on constant head-
ing navigation and one based on map navigation (see 
above). Both final rasters were multiplied  (Fig.  7) and 
different combinations based on the geomagnetic values 
were modelled: F–I, I–F, F–H, H–F, I–H, H–I. 
Table  1 provides an overview of the different navi-
gational strategies and associated geomagnetic values. 
CRWs and CRBs were calculated for every navigational 
strategy [5] and repeated for all 3 magnetic values 
(intensity F, inclination I and horizontal component H) 
independently or in combination which led to 19 differ-
ent models for simulation. Each simulation model was 
repeated to generate 100 simulations per model and the 
whole process was repeated for all 14 autumn migratory 
flights, resulting in 1400 simulations per model. Some 
strategies had multiples of 1400 simulations, depending 
on how many geomagnetic values or combinations were 
used.
Statistical analysis
For each migratory flight and each type of navigation 
we compared the simulated trajectories derived to the 
Fig. 6 Example of a probability raster for one step of the 
simulation experiment for the geomagnetic navigational strategy 
‘Map-bi-gradient taxis navigation’. The highest probability values 
are shown red (indicating higher probability of movement steps in 
that location) and lower probability values are yellow (indicating a 
lower probability of movement step in that location). These rasters 
were calculated before each step of the simulated trajectory and 
are dependent on the current position of the simulated bird and 
the current condition of the geomagnetic field -the green dot is 
the location of the minimum value of the raster. The true migratory 
trajectory of animal 1, interpolated to 1 h frequency, is represented 
by black dots. We used the geomagnetic field value intensity in this 
example plot
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real trajectories using three measures of trajectory simi-
larity (Ranacher and Tzavella, 2014): the mean distance 
[65], the dynamic time warping [66], and the dynamic 
interaction index [67]. We calculated the mean distance 
of every point of the simulated trajectory in relation to 
the corresponding location in the matching empirical 
trajectory. Lower values of the mean distance are reflec-
tive of more similar movement. Dynamic time wrapping 
(dtw) accounts for the variability of distances (e.g., the 
mean is sensitive to outliers). This method dynamically 
adapts the simulated trajectory to the appearance of the 
GPS- trajectory, by shifting and stretching and through 
this correcting for incorrect comparisons [66]. Equally to 
mean distance, lower values of the dtw are reflective of 
more similar movement. The final measure we computed 
was the dynamic interaction (DI) index, which is a meas-
ure of similarity in the direction and displacement com-
ponents of movement steps [67]. DI values near 0 suggest 
no similarity, whereas values close to 1 indicate high sim-
ilarity of movement.
To test if any of the simulated navigational models 
differed from the one without geomagnetic input, we 
calculated linear mixed effect models. Values of the 3 dif-
ferent similarity measurements were modelled separately 
against the different simulated strategies. To account for 
autocorrelation, introduced by repeated measures, we 
added a random intercept effect term for animal identity. 
These 3 linear mixed effect models were calculated for 
CRW and CRB separately.
To evaluate and count the number of the best perform-
ing simulations in our models we needed to account for 
the fact that different strategies were associated with 
a different number of model simulations. Therefore, 
we used the linear mixed effects models to strategically 
choose the specific geomagnetic cue (i.e., I, H, or F) that 
best represented each of the five strategies in Table 1. For 
example, for geomagnetic taxis we selected the model 
using geomagnetic intensity, based on comparison of 
the estimate output of each model (Additional file 1: 3). 
Thus, for each of the five strategies we retained an equal 
number of 1400 simulations. These 1400 simulations (× 5 
strategies) were then pooled to create an overall sample 
of 7000 simulations. To evaluate our simulations and 
Fig. 7 Example of a probability raster for one step of the simulation 
experiment for the geomagnetic navigational strategy ‘combination 
bi-gradient taxis - constant heading’. The highest probability values 
are shown red (indicating higher probability of movement steps in 
that location) and lower probability values are yellow (indicating a 
lower probability of movement step in that location). These rasters 
were calculated before each step of the simulated trajectory and 
are dependent on the current position of the simulated bird and 
the current condition of the geomagnetic field -the green dot is 
the location of the minimum value of the raster. The true migratory 
trajectory of animal 1, interpolated to 1 h frequency, is represented 
by black dots. We used the geomagnetic field value intensity in this 
example plot
Table. 1 List of all strategy combinations in association with the geomagnetic values. These 19 combinations were used for the CRW 
and CRB models
Strategy Geomagnetic values used in models Total number 
of simulations
1. No bias None 1400
2. Geomagnetic taxis F H I 4200
3. Constant heading MaxF MaxH MaxI MinF MinH MinI 8400
4. Bi-gradient taxis FH FI IH 4200
5. Combination bi-gradient taxis-
constant heading
FH FI HF HI IF IH 8400
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acquire the best performing strategy and geomagnetic 
characteristic, we selected the top 10% of the 7000 simu-
lations (following Oudman et al., 2020) and counted the 
occurrences of the different geomagnetic strategies for 
each similarity measure. The proportion of the 10% of the 
simulations containing each of the geomagnetic strate-
gies is then used as evidence of which model more closely 
resembled the true movement data.
All computation was done in R 3.6.3 using the follow-
ing packages: move [69] and adehabitatLT [70] to analyse 
trajectories and lme4 [71] to fit the statistical models.
Results
Navigation strategies: simulations based on taxis 
navigation are the most similar to GPS trajectories
For every bird we simulated 5 different navigational strat-
egies with different combinations of the geomagnetic val-
ues with CRW (an example is presented in Fig. 8, while 
the full output is in Additional 1: 2, Table S3, Figures S3–
S16, S3 Model 1-3). In the CRW models, the strategy 
based on taxis navigation was the one most often repre-
sented in the sample of the top 10% of the simulations. 
The count of the taxis navigation in the best models was 
31–32% for all three similarity measurements (Table  2). 
About 20% of counts, which is the amount expected by 
equal distribution of the 5 strategies, was found for the 
navigational strategies based on constant heading and 
the combination of bi-gradient taxis and constant head-
ing. The least similar of the simulated trajectories used 
no additional bias and bi-gradient taxis navigation and 
accounts for 9–17% of the counts.
Geomagnetic parameters: navigation based 
on geomagnetic intensity and inclination are most similar 
to GPS trajectories
Navigational simulations were based on three differ-
ent geomagnetic values. The geomagnetic intensity (F) 
and inclination (I) were represented in more than 50% 
of the best models in the two geometric output statistics 
mean and dtw in CRW models (Table 3). In the similarity 
measurement F is represented in 86% of the best models. 
This shows that simulations based on F were most simi-
lar to the original trajectory. The horizontal geomagnetic 
component (H) was used in 21% of the best models in the 
similarity measurement, however H was only included in 
combination with F (Table 3).
CRB simulations
For the CRB models the counts of the 5 different naviga-
tional strategies of the top 10% sample of the best model 
Fig. 8 An example CRW simulation for animal 1. a The simulation without geomagnetic bias and b the simulation with geomagnetic taxis for 
intensity F
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did not change (an example in Fig.  9 and full output in 
Additional 1: 2, Table  S3,  Figures  S17–S30, S3 Model 
4-6). In all three similarity measurements all 5 simula-
tion strategies were represented equally at around 20% 
(Table  2). Similarly, there was no clear pattern when 
comparing the use of the geomagnetic values in the CRB 
models (Table 3). There was a higher count of simulations 
using navigational strategies with F and H, for the mean 
distance and dtw measurements and contrary to this, a 
higher count of I navigational simulations was found in 
the similarity measurements (Table 3).
Discussion
Our results indicate that simulations based on underlying 
gradients that minimise, in the case of autumn migration, 
geomagnetic values (taxis), were more likely to produce 
migratory trajectories that were most similar to the 
observed geese migratory trajectories. This finding could 
indicate that, under the modelled geomagnetic condi-
tions, this navigational strategy would be the most likely 
when used independently from other cues. However, it 
was not probable that the simulated trajectories end up 
in the target locations even when strongly biasing step 
selection based on the probability raster for geomagnetic 
Table. 2 Counts and proportions of navigational strategies in the 700 best simulation runs for each of the three trajectory similarity 
measures (mean, dtw, DI)
Strategy Mean dtw Similarity
Count (#) Proportion (%) Count (#) Proportion (%) Count (#) Proportion 
(%)
CRW 
 No additional bias 65 09 74 11 100 14
 Geomagnetic taxis 226 32 224 32 220 31
 Constant heading 155 22 149 21 131 19
 Bi-gradient taxis 110 16 118 17 103 15
 Combination Bi-gradient 
taxis -Constant heading
144 21 135 19 146 21
CRB
 No additional bias 127 18 123 18 139 20
 Geomagnetic taxis 153 22 113 16 140 20
 Constant heading 134 19 150 21 150 21
 Bi-gradient taxis 145 21 152 22 136 19
 Combination Bi-gradient 
taxis -Constant heading
141 20 162 23 135 19
Table. 3 Counts and probabilities proportions of geomagnetic cues in the 700 best simulation runs for each of the three trajectory 
similarity measures (mean, dtw, DI)
Strategy Mean dtw Similarity
Count (#) Proportion (%) Count (#) Proportion (%) Count (#) Proportion (%)
CRW 
 No additional bias 168 24 168 24 100 14
 F 93 13 160 23 351 50
 FI 290 41 235 34 103 15
 FH 146 21
 I 149 21 137 20
CRB
 No additional bias 130 19 143 20 139 20
 F 282 40 144 21
 HF 145 21 131 19 135 19
 I 140 20 290 41
 IH 143 20 142 20 136 19
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taxis. Based on our simulations, the most likely geo-
magnetic navigational strategy for the birds would be to 
use geomagnetic taxis as a general directional tool but 
they clearly would need additional navigational cues, 
like landmarks, sun and stars, odour, or sound for more 
precise navigation decisions when using geomagnetic 
navigation [4, 5, 72–74]. Thus, our data-driven approach 
supports previous theories of multifactorial navigation 
[4, 5] especially for long-distance migration.
The geomagnetic properties with the best modelled 
output in the CRW models were based on the field inten-
sity (F) and inclination (I). Thus, if birds were following 
a geomagnetic gradient, like in geomagnetic taxis, then 
following geomagnetic cues which are in-line with the 
target destination would be most accurate. One differ-
ence between intensity F and inclination I is the spatial 
dynamics of changes in these values and the birds’ ability 
to sense these changes. Geomagnetic intensity changes 
globally on average 10nT/km whereas inclination 
changes at a rate of 0.009°/km. The simulated birds could 
be influenced by the value which changes at a finer spa-
tial resolution, i.e. F. In comparison between the spatial 
scale of variation of the geomagnetic field and the level 
of geomagnetic sensitivity of birds (F ~ 20nT [17] I close 
to 1° [23]), a bird would need to fly at least 2 km to detect 
a change in intensity F and 112 km to detect a change in 
inclination I, which indicates that navigation based on 
F is possible on finer spatial scales. Despite a lower spa-
tial scale of change of I, it still might be a useful tool for 
broad navigation on long-distance migratory flights and 
could function as a backup if other navigational cues are 
not available. Additionally, the broader spatial resolu-
tion of inclination might make navigation depending on 
it less affected by local and temporal changes of the geo-
magnetic field and therefore a more reliable geomagnetic 
navigation value. These observations affect the plausibil-
ity that birds are using these different cues and indicate 
that the use of different geomagnetic cues (F or I) might 
vary depending on local conditions.
In our simulations we found that modelling geomag-
netic navigation as a correlated random bridge (CRB) 
is mathematically possible but does not lead to any dif-
ference in outputs for different navigational strategies. 
A main feature of these models is the strong pull to the 
target destination [75] without any underlying naviga-
tion or orientation mechanism underlying or justifying it. 
Fig. 9 Example CRB simulation of animal 1. a The results of the strategy with no magnetic bias and b with geomagnetic taxis and associated 
geomagnetic value F
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This is a very strong bias which overrides the compara-
tively weak signal of the geomagnetic navigation effect. 
In theory, a stronger effect of geomagnetic navigation 
could have manifested in the simulated trajectories being 
more similar to the original bird trajectory even in CRB 
models. The absence of such effects in the results indi-
cates that the effect of the geomagnetic navigation of our 
simulations is relatively weak compared to the pull to 
the target as modelled in a CRB. For the bird navigation 
example studied here, this could mean that geomagnetic 
navigation might play a minor role in the multifacto-
rial navigational mechanism of these geese. If the pull 
towards the target is eliminated, as in the CRW models, 
the independent effect of the geomagnetic field values on 
the navigation during migration becomes more apparent, 
but not to such an extent that it would permit to success-
fully arrive at the target without additional non-geomag-
netic cues.
All geomagnetic values were based on modelled data, 
which represent a daily variation of the geomagnetic 
field albeit only as a rough representation of reality. The 
temporal dynamics of the geomagnetic field are much 
more pronounced, as fluctuations at the biologically rel-
evant scale occur at much higher temporal resolution 
[76]. The geomagnetic field varies over short timescales 
through the effect of solar winds. Eruptions on the Sun 
affect the Earth’s magnetic field and during geomagnetic 
storms induced by the strong solar wind, disturbances 
may range up to 1000 nT in intensity in polar regions 
and 250 nT in mid latitudes [57], well in excess of what 
birds can sense. These changes can occur over periods of 
seconds to hours but are not visible in the modelled geo-
magnetic data we used here [77]. Geomagnetic storms 
occur most frequently around both equinoxes [78], which 
corresponds with spring and autumn migrations of many 
bird species. Our modelling could therefore be further 
improved with the use of directly observed geomag-
netic data that are sampled at higher temporal frequen-
cies. Including high-resolution geomagnetic dynamics 
would improve simulations of migratory flights and lead 
to better insights into the real conditions experienced by 
migrating birds through comparisons with the increasing 
volume of available migratory tracks of birds in the wild.
As we are introducing a new methodology to study 
geomagnetic navigation from contemporaneous mag-
netic data with biased random walks, we encountered 
theoretical limitations. One was related to the choice 
of weighting of the rasters representing the properties 
of the animal movement (persistence) and the local 
geomagnetic conditions (bias). In statistics, there is no 
optimal method of how to combine these two proper-
ties. Instead, for each case study, it is necessary to make 
simplifications to model equations or assumptions as 
to how organisms respond to variability in their envi-
ronment [53]. In our case, we derived the weights for 
persistence and bias rasters based on tests of several 
weighting schemes. We chose the one that was gener-
ating the most stable results, but we acknowledge that 
this simplification could have been done in a different 
way. Choosing weights for biased random walks is a 
complex operation and could be considered as a meth-
odological problem on its own.
A related methodological issue is why simulated trajec-
tories often resemble unbiased Brownian motion rather 
than being grouped into a narrow corridor around the 
actual trajectory. There are several possibilities as to 
why this may be the case. One could be that movement 
parameters persist for longer than we accounted for. 
Our model considers an auto difference structure of one 
step, i.e. it maintains the empirical change in parameters 
between consecutive steps, but this does not extend to 
the following steps. To represent a longer persistence, 
the model could be adjusted to include a longer sequence 
of steps, but that would increase computational com-
plexity as well as complicate interpretation. Second, the 
large geographic variability in simulated trajectories 
could be an indication that geomagnetic navigation is 
not prioritised by birds as the primary navigation mode. 
This is supported by the fact that birds use multifacto-
rial navigation mechanisms [4, 5], which we however do 
not account for in our models. Combining several navi-
gational strategies into a spatio-temporal mathematical 
model is a very complex undertaking. A major hurdle is 
calculating similar raster surfaces that account for other 
navigation strategies. For example, another proposed 
strategy for migratory bird navigation across feature-
less expanses is olfactory navigation [79]. It is at present 
not possible to study olfactory navigation in a modelling 
approach such as the one presented here, since data on 
atmospheric concentration of the volatile organic com-
pounds (which are hypothesised to guide the birds) are 
not available at geographic extents and sufficient spatial 
and temporal resolutions that would be suitable for ana-
lysing long-distance migratory flights. Our paper there-
fore focuses on single cue navigation as we are limited to 
data that does exist (on Earth’s magnetic field) but this 
could be expanded in the future, as new environmen-
tal data become available. Finally, in this experiment we 
used modelled geomagnetic data, which, as discussed 
above, may not represent the actual magnetic environ-
ment during disturbed geomagnetic conditions and may 
therefore impart less pull on the simulations. We plan to 
address this problem in our future work, where we will 
use accurate contemporaneous geomagnetic measure-
ments, derived from satellite sources.
Page 13 of 15Zein et al. Mov Ecol            (2021) 9:46  
Geomagnetic bird navigation has been studied using 
many different approaches in the past [10, 17–23, 39–44], 
and these studies do not always agree on how geomag-
netic navigation might occur, especially during migra-
tion. Current studies are limited in that they use methods 
that are difficult to compare, and typically only study 
some navigation strategies or geomagnetic values (Inten-
sity or Inclination). Thus, the current body of literature 
is limited in terms of the overall conclusions which can 
be drawn about how geomagnetic navigation might occur 
in migratory birds. Additionally, geomagnetic navigation 
is likely species- and/or individual specific, dependent on 
the location on the Earth and variations in the geomag-
netic field. Our simulation experiment can be applied to 
different species, incorporates geomagnetic data at rela-
tively fine spatial and temporal resolution, and can inte-
grate various navigation strategies. This allows for direct 
comparison between species, strategies, and at different 
locations globally.
Conclusions
In this paper, we present a data-driven simulation experi-
ment to evaluate which geomagnetic navigational strate-
gies are mostly used by geese during fall migration from 
Russia into Europe. Our approach can now be extended 
to study navigational strategies of migratory birds in gen-
eral. In our simulations, navigational strategies based on 
taxis were the most likely to occur and our results cor-
roborate that migratory navigation is likely a multifac-
torial process. We showed that the spatial and temporal 
scales of change in the geomagnetic values as well as 
the physiological abilities of the birds to sense these val-
ues are important factors during navigation. Simulation 
experiments testing the effect and optimum resolution of 
geomagnetic input variables are needed to gain a better 
understanding of the geomagnetic navigational strategies 
used by birds. Additionally, models could be improved 
by using more temporally dynamic geomagnetic data, to 
capture the high temporal variability of the changes of 
the field, which may affect bird navigation.
Supplementary Information
The online version contains supplementary material available at https:// doi. 
org/ 10. 1186/ s40462- 021- 00283-5.
Additional file 1. This file is containing further explanations of the meth-
ods and a methodological workflow (S1), visual results for all analysis (S2) 
and all statistical outputs (S3).
Acknowledgements
We thank the three reviewers for very helpful comments.
Authors’ contributions
BZ designed the methodology and performed the analysis with contributions 
from JAL, KS, AK and UD. BZ also led the writing, drafted the manuscript and 
coordinated revisions from all co-authors. UD, JAL and KS contributed to the 
development of statistical methodology. AK and HK provided geese tracking 
data and, together with MW, contributed to biological interpretation of results. 
UD conceived the study and led the Leverhulme project. All authors contrib-
uted to writing and critically revised the manuscript.
Funding
The project was funded by the Leverhulme Trust (Research Project Grant RPG-
2018-258). The funder had no role in the design of the study and collection, 
analysis, and interpretation of data and in writing the manuscript.
Availability of data and materials
The datasets analysed during the current study are available on Movebank.
Declarations
Ethics approval and consent to participate




The authors declare that they have no competing interests.
Author details
1 School of Geography and Sustainable Development, Irvine Building, Univer-
sity of St Andrews, North Street, KY16 9AL St Andrews, Scotland, UK. 2 Depart-
ment of Geography & Environment, Western University, London, ON, Canada. 
3 Department of Migration, MPI of Animal Behavior, Radolfzell, Germany. 
4 Department of Biology, University of Konstanz, Konstanz, Germany. 5 Centre 
for the Advanced Study of Collective Behaviour, University of Konstanz, 
78457 Konstanz, Germany. 6 Institute for Wetlands and Waterbird Research E.V, 
Verden (Aller), Germany. 
Received: 1 April 2021   Accepted: 27 August 2021
References
 1. Klaassen M. Metabolic constraints on long-distance migration in birds. J 
Exp Biol. 1996;199(1):57–64.
 2. Wikelski M, Tarlow EM, Raim A, Diehl RH, Larkin RP, Visser GH. Costs of 
migration in free-flying songbirds. Nature. 2003;423(6941):704.
 3. Tryjanowski P, Sparks TH, Kuźniak S. Earlier arrival date of some farm land 
migrants in western Poland. IBIS (Lond 1859). 2002;144:62–8.
 4. Mouritsen H. Magnetoreception in birds and its use for long-distance 
migration. In: Sturkie’s avian physiology. 2015. p. 113–33. http:// www. qut. 
eblib. com. au/ patron/ FullR ecord. aspx?p= 763630
 5. Wiltschko W, Wiltschko R. Magnetic orientation in birds. J Exp Biol. 
1996;199(1):29–38.
 6. Holland RA, Thorup K, Gagliardo A, Bisson IA, Knecht E, Mizrahi D, et al. 
Testing the role of sensory systems in the migratory heading of a song-
bird. J Exp Biol. 2009;212(24):4065–71.
 7. Cochran WW, Mouritsen H, Wikelski M. Migrating songbirds recali-
brate their magnetic compass daily from twilight cues. Science. 
2004;304(April):405–8.
 8. von Middendorff A. Die Isopiptesen Russlands. Grundlagen zur 
Erforschung der Zugzeiten und Zugrichtungen der Vögel Russlands. St 
Petersbg Mem Acad Sci St Petersbg Sci Nat. 1855;8.
 9. Alerstam BYT. Bird migration across a strong magnetic anomaly. J Exp 
Biol. 1987;130(1):63–86.
 10. Kishkinev D, Chernetsov N, Pakhomov A, Heyers D, Mouritsen H. Eurasian 
reed warblers compensate for virtual magnetic displacement. Curr Biol. 
2015;25(19):R822–4.
 11. Newitt LR, Chulliat A, Orgeval JJ. Location of the north magnetic pole in 
April 2007. Earth, Planets Sp. 2009;61(6):703–10.
 12. Holland RA. Differential effects of magnetic pulses on the orientation of 
naturally migrating birds. J R Soc Interface. 2010;7(52):1617–25.
Page 14 of 15Zein et al. Mov Ecol            (2021) 9:46 
 13. Winklhofer M, Dylda E, Thalau P, Wiltschko W, Wiltschko R. Avian magnetic 
compass can be tuned to anomalously low magnetic intensities. Proc R 
Soc B Biol Sci. 2013;280(1763).
 14. Muheim R, Bäckman J, Åkesson S. Magnetic compass orientation in 
European robins is dependent on both wavelength and intensity of light. 
J Exp Biol. 2002;205:3845–56.
 15. Ritz T, Adem S, Schulten K. A model for photoreceptor-based magnetore-
ception in birds. Biophys J. 2000;78(2):707–18. https:// doi. org/ 10. 1016/ 
S0006- 3495(00) 76629-X.
 16. Wu LQ, Dickman JD. Magnetoreception in an avian brain in part medi-
ated by inner ear lagena. Curr Biol. 2011;21(5):418–23. https:// doi. org/ 10. 
1016/j. cub. 2011. 01. 058.
 17. Schiffner I, Wiltschko R. Temporal fluctuations of the geomagnetic field 
affect pigeons’ entire homing flight. J Comp Physiol A Neuroethol Sen-
sory Neural Behav Physiol. 2011;197(7):765–72.
 18. Wiltschko R, Wiltschko W. The magnetite-based receptors in the beak 
of birds and their role in avian navigation. J Comp Physiol A Neuroethol 
Sensory Neural Behav Physiol. 2013;199(2):89–98.
 19. Beason RC, Semm P. Magnetic responses of the trigeminal nerve system 
of the bobolink (Dolichonyx oryzivorus). Neurosci Lett. 1987;80(2):229–34.
 20. Semm P, Beason RC. Responses to small magnetic variations by the 
trigeminal system of the bobolink. Brain Res Bull. 1990;25(90):735–40.
 21. Åkesson S, Morin J, Muheim R, Ottosson U. Avian orientation at 
steep angles of inclination: experiments with migratory white-
crowned sparrows at the magnetic North Pole. Proc R Soc B Biol Sci. 
2001;268(1479):1907–13.
 22. Lefeldt N, Dreyer D, Schneider N-L, Steenken F, Mouritsen H. Migratory 
blackcaps tested in Emlen funnels can orient at 85 degrees but not at 88 
degrees magnetic inclination. J Exp Biol. 2015;218(2):206–11. https:// doi. 
org/ 10. 1242/ jeb. 107235.
 23. Sandberg R, Bäckman J, Ottosson U. Orientation of snow buntings 
(Plectrophenax nivalis) close to the magnetic north pole. J Exp Biol. 
1998;201(Pt 12):1859–70.
 24. Hore PJ, Mouritsen H. The radical-pair mechanism of magnetoreception. 
In: Annual review of biophysics; 2016. p. 299–344. https:// doi. org/ 10. 
1146/ annur ev- bioph ys- 032116- 094545
 25. Wiltschko R, Wiltschko W. Avian navigation: a combination of innate and 
learned mechanisms. In: Advances in the study of behavior. Elsevier Ltd; 
2015. p. 229–310. https:// doi. org/ 10. 1016/ bs. asb. 2014. 12. 002
 26. Wiltschko W, Wiltschko R. Magnetic compass of European robins. Am 
Assoc Adv Sci. 1972;315(5819):1709–12.
 27. Muheim R, Moore FR, Phillips JB. Calibration of magnetic and celestial 
compass cues in migratory birds—a review of cue-conflict experiments. J 
Exp Biol. 2006;209(1):2–17. https:// doi. org/ 10. 1242/ jeb. 01960.
 28. Sjöberg S, Muheim R. A new view on an old debate: type of cue-conflict 
manipulation and availability of stars can explain the discrepancies 
between cue-calibration experiments with migratory songbirds. Front 
Behav Neurosci. 2016;23:10. https:// doi. org/ 10. 3389/ fnbeh. 2016. 00029/ 
abstr act.
 29. Wiltschko R, Wiltschko W. Avian navigation. Auk. 2009;126(4):717–43. 
https:// doi. org/ 10. 1525/ auk. 2009. 11009.
 30. Freake MJ, Muheim R, Phillips JB. Magnetic maps in animals: a theory-
comes of age? Q Rev Biol. 2003;78(3):275–301.
 31. Griffin DR. Bird navigation. Biol Rev Camb Philos Soc. 1952;27:359–400.
 32. Heyers D, Elbers D, Bulte M, Bairlein F, Mouritsen H. The magnetic 
map sense and its use in fine-tuning the migration programme of 
birds. J Comp Physiol A Neuroethol Sensory Neural Behav Physiol. 
2017;203(6–7):491–7.
 33. Holland RA. True navigation in birds: from quantum physics to global 
migration. J Zool. 2014;293(1):1–15.
 34. Phillips JB. Magnetic navigation. J Theor Biol. 1996;180(4):309–19.
 35. Åkesson S. Comparative orientation experiments with different species of 
passerine long-distance migrants: effect of magnetic field manipulation. 
Anim Behav. 1994;48(6):1379–93.
 36. Deutschlander ME, Beason RC. Avian navigation and geographic 
positioning. J F Ornithol. 2014;85(2):111–33. https:// doi. org/ 10. 1111/ jofo. 
12055.
 37. Jacobs LF, Schenk F. Unpacking the cognitive map: the parallel map 
theory of hippocampal function. Psychol Rev. 2003;110(2):285–315.
 38. Sokolovskis K, Bianco G, Willemoes M, Solovyeva D, Bensch S, Åkesson S. 
Ten grams and 13,000 km on the wing—route choice in willow warblers 
Phylloscopus trochilus yakutensis migrating from Far East Russia to East 
Africa. Mov Ecol. 2018;6:20.
 39. Chernetsov N, Pakhomov A, Kobylkov D, Kishkinev D, Holland RA, Mourit-
sen H. Migratory Eurasian reed warblers can use magnetic declination to 
solve the longitude problem. Curr Biol. 2017;27(17):2647-2651.e2. https:// 
doi. org/ 10. 1016/j. cub. 2017. 07. 024.
 40. Chernetsov N, Kishkinev D, Mouritsen H. A long-distance avian migrant 
compensates for longitudinal displacement during spring migration. Curr 
Biol. 2008;18(3):188–90.
 41. Perdeck AC. Two types of orientation in migrating starlings, Sturnus 
yulgaris L, and chaffinches, Fringilla coelebs L, as revealed by displacement 
experiments. Ardea. 1958;46:1–37.
 42. Thorup K, Bisson I-A, Bowlin MS, Holland RA, Wingfield JC, Ramenofsky M, 
et al. Evidence for a navigational map stretching across the continental 
US in a migratory songbird. Proc Natl Acad Sci. 2007;104(46):18115–9. 
https:// doi. org/ 10. 1073/ pnas. 07047 34104.
 43. Henshaw I, Fransson T, Jakobsson S, Kullberg C. Geomagnetic field affects 
spring migratory direction in a long distance migrant. Behav Ecol Socio-
biol. 2010;64(8):1317–23.
 44. Åkesson S, Bianco G. Assessing vector navigation in long-distance migrat-
ing birds. Behav Ecol. 2015;27(3):865–75.
 45. Bousquet F, Le Page C. Multi-agent simulations and ecosystem manage-
ment: a review. Ecol Modell. 2004;176(3–4):313–32.
 46. Grimm V, Revilla E, Berger U, Jeltsch F, Mooij WM, Railsback SF, et al. 
Pattern-oriented modeling of agent-based complex systems: lessons 
from ecology. Science. 2005;310(5750):987–91.
 47. Hogeweg P, Hesper B. Individual-oriented modelling in ecology. Math 
Comput Model. 1990;13(6):83–90.
 48. Huston M, DeAngelis D, Post W. New Models Unify Computer be 
explained by interactions among individual organisms. Bioscience. 
1988;38(10):682–91.
 49. Johnson AR, Wiens JA, Milne BT, Crist TO. Animal movements and 
population dynamics in heterogeneous landscapes. Landsc Ecol. 
1992;7(1):63–75.
 50. O’Sullivan D, Perry GLW. Spatial simulation: exploring pattern and process. 
Chichester: Wiley; 2013.
 51. Siniff DB, Jessen CR. A simulation model of animal movement patterns. 
Adv Ecol Res. 1969;6:185–219.
 52. Tang W, Bennett DA. Agent-based modeling of animal movement: a 
review. Geogr Compass. 2010;4(7):682–700.
 53. Turchin P. Quantitative analysis of movement: measuring and modeling 
population redis- tribution in animals and plants. Sunderland: Sinauer 
Associates; 1998.
 54. Kölzsch A, Müskens GJDM, Kruckenberg H, Glazov P, Weinzierl R, Nolet BA, 
et al. Towards a new understanding of migration timing: slower spring 
than autumn migration in geese reflects different decision rules for 
stopover use and departure. Oikos. 2016;125(10):1496–507.
 55. Kölzsch A, Müskens GJDM, Szinai P, Moonen S, Glazov P, Kruckenberg 
H, et al. Flyway connectivity and exchange primarily driven by moult 
migration in geese. Mov Ecol. 2019;7(1):3. https:// doi. org/ 10. 1186/ 
s40462- 019- 0148-6.
 56. Hawkes LA, Butler PJ, Frappell PB, Meir JU, Milsom WK, Scott GR, et al. 
Maximum running speed of captive bar-headed geese is unaffected by 
severe hypoxia. PLoS One. 2014;9(4).
 57. Campbell WH. Introduction to geomagnetic fields, physics today, vol. 51. 
Cambridge: Cambridge University Press; 2003. p. 55–6. https:// doi. org/ 10. 
1063/1. 882493.
 58. Thébault E, Finlay CC, Beggan CD, Alken P, Aubert J, Barrois O, et al. Inter-
national geomagnetic reference field: the 12th generation. Earth Planets 
Sp. 2015;67(1):79. https:// doi. org/ 10. 1186/ s40623- 015- 0228-9.
 59. Koski WR, Allen T, Ireland D, Buck G, Smith PR, Macrender AM, et al. Evalu-
ation of an unmanned airborne system for monitoring marine mammals. 
Aquat Mamm. 2009;35(3):347–57.
 60. Unterfinger M. Bird Strike Probability at Zurich Airport—Development 
and Implementation of the Third Dimension in the Empirically Informed 
Random Trajectory Generator. 2018.
 61. Technitis G, Weibel R, Kranstauber B, Safi K. An algorithm for empirically 
informed random trajectory generation between two endpoints. In: 
International conference on GIScience short paper proceedings. Mon-
treal, QC; 2016.
Page 15 of 15Zein et al. Mov Ecol            (2021) 9:46  
•
 
fast, convenient online submission
 •
  
thorough peer review by experienced researchers in your field
• 
 
rapid publication on acceptance
• 
 
support for research data, including large and complex data types
•
  
gold Open Access which fosters wider collaboration and increased citations 
 
maximum visibility for your research: over 100M website views per year •
  At BMC, research is always in progress.
Learn more biomedcentral.com/submissions
Ready to submit your research ?  Choose BMC and benefit from: 
 62. Mueller T, Fagan WF. Search and navgation in dynamic environ-
ments—from individual behaviours to population distributions. Oikos. 
2007;2008(117):654–64.
 63. Cochran WW, Wikelski M. Individual migratory tactics of New World 
Catharus thrushes: current knowledge and future tracking options from 
space. In: Greenberg R, Marra PP, editors. Birds of two worlds: the ecology 
and evolution of migration. Baltimore: Johns Hopkins University Press; 
2005. p. 274–89.
 64. Liu X, Chernetsov N. Avian orientation: multi-cue integration and calibra-
tion of compass systems. Chin Birds. 2012;3(1):1–8.
 65. Ranacher P, Tzavella K. How to compare movement? A review of physical 
movement similarity measures in geographic information science and 
beyond. Cartogr Geogr Inf Sci. 2014;41(3):286–307. https:// doi. org/ 10. 
1080/ 15230 406. 2014. 890071.
 66. Cleasby IR, Wakefield ED, Morrissey BJ, Bodey TW, Votier SC, Bearhop S, 
et al. Using time-series similarity measures to compare animal movement 
trajectories in ecology. Behav Ecol Sociobiol. 2019;73(11).
 67. Long JA, Nelson TA. Measuring dynamic interaction in movement data. 
Trans GIS. 2013;17(1):62–77.
 68. Oudman T, Laland K, Ruxton G, Tombre I, Shimmings P, Prop J. Young 
birds switch but old birds lead: how barnacle geese adjust migratory 
habits to environmental change. Front Ecol Evol. 2020;7(January):1–15.
 69. Kranstauber B, Smolla M, Scharf AK. move: Visualizing and Analyzing 
Animal Track Data. R package version 3.2.2. https:// CRAN.R- proje ct. org/ 
packa ge= move. 2019.
 70. Calenge C. The package adehabitat for the R software: a tool for the 
analysis of space and habitat use by animals, Vol. 197. Ecological Model-
ling; 2006. p. 516–9.
 71. Bates D, Mächler M, Bolker B, Walker S. Fitting linear mixed-effects models 
using lme4. J Stat Softw. 2015;67(1):1–48.
 72. Wikelski M, Arriero E, Gagliardo A, Holland RA, Huttunen MJ, Juvaste R, 
et al. True navigation in migrating gulls requires intact olfactory nerves. 
Sci Rep. 2015;5:1–11. https:// doi. org/ 10. 1038/ srep1 7061.
 73. Gagliardo A. Forty years of olfactory navigation in birds. J Exp Biol. 
2013;216(12):2165–71.
 74. Gagliardo A, Pollonara E, Wikelski M. Pigeons remember visual landmarks 
after one release and rely upon them more if they are anosmic. Anim 
Behav. 2020;166:85–94. https:// doi. org/ 10. 1016/j. anbeh av. 2020. 05. 009.
 75. Technitis G, Othman W, Safi K, Weibel R. From A to B, randomly: a point-
to-point random trajectory generator for animal movement. Int J Geogr 
Inf Sci. 2015;29(6):912–34. https:// doi. org/ 10. 1080/ 13658 816. 2014. 
999682.
 76. Mandea M, Thebault E. The changing faces of earths magnetic field. Paris: 
Commission For The Geological Map Of The World; 2007.
 77. Amm O, Vanhamäki H, Kauristie K, Stolle C, Christiansen F, Haagmans R, 
et al. A method to derive maps of ionospheric conductances, currents, 
and convection from the Swarm multisatellite mission. J Geophys Res Sp 
Phys. 2015;120(4):3263–82. https:// doi. org/ 10. 1063/1. 882493.
 78. Russell CT, McPherron RL. Semiannual variation of geomagnetic activity. 
J Geophys Res. 1973;78(1):92–108. https:// doi. org/ 10. 1029/ JA078 i001p 
00092.
 79. Bonadonna F, Gagliardo A. Not only pigeons: avian olfactory navigation 
studied by satellite telemetry. Ethol Ecol Evol. 2021;33(3):273–89. https:// 
doi. org/ 10. 1080/ 03949 370. 2021. 18719 67.
Publisher’s Note
Springer Nature remains neutral with regard to jurisdictional claims in pub-
lished maps and institutional affiliations.
